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Figure 1. Racomitrium heterostichum encased in ice. Photo by Michael Lüth, with permission.

Freezing tolerance must necessarily be coupled with
drought tolerance and therefore this chapter would be
incomplete without a discussion of winter effects. While
other plants are dormant and have either lost their leaves,
died back to ground level, or adapted in other ways to
prevent damage from heavy snow and loss of water due to
ice crystals, many bryophytes remain exposed, ready to
have photosynthesis whenever light, water, and
temperatures permit (Figure 1). Here we will examine the
conditions related to their winter water relations.
Temperature relations will be covered in a different
chapter.

Problems in Winter
Bryophytes do have problems to deal with in winter.
These include damage to their DNA and photosynthetic
tissue (chlorophyll) from the UV light, temperature stress,
cellular freezing and structural damage, and desiccation
damage due to ice crystals. Alberdi et al. (2002) consider

that adaptations to cold include high resistance to light
stress, high freezing resistance, and high photosynthetic
capacity at low temperatures. To this list I must add the
ability to regain hydration quickly upon thawing. Most of
these topics will be discussed elsewhere in chapters that
deal with that particular physiological parameter. This
chapter will examine the winter water relations.
The all-important water, whether as fog or rain or dew,
is suddenly no longer liquid, but solid. Not only does this
present problems for obtaining water, but it also means that
hygroscopic ice crystals can draw water from the bryophyte
cells.
But not all bryophytes suffer from the problem of ice
damage. The thallose liverwort Ricciocarpos natans
(Figure 2-Figure 4) can spend the winter encased in ice and
can tolerate temperatures to -30°C (Frahm 2006). Frahm
suggested that it was able to survive this frozen condition
because it has no water vacuoles, thus providing no free
internal water to form crystals that could destroy its
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membranes.
Rod Seppelt (Bryonet discussion 14
November 1997) also noted an absence of vacuoles in
Antarctic mosses. Both Ricciocarpos natans and Riccia
fluitans (Figure 5-Figure 6) are common in Arctic streams,
so we might expect them to have this absence of vacuoles.
I find it interesting that no one seems to have reported
either presence or absence of vacuoles in R. natans (based
on literature search and question posed on Bryonet in April
2015). Rather, lipids and starch bodies may help in their
winter tolerance (Rod Seppelt, Bryonet discussion 14
November 1997).

Figure 5. Riccia fluitans with pearling, a species that
survives freezing. Photo by Christian Fischer, with permission.

Figure 2. Ricciocarpos natans in ice. Photo by Jan-Peter
Frahm, with permission.

Figure 6. Riccia fluitans cross section showing large air
chambers that help it to float. Photo by Ralf Wagner <www.drralf-wagner.de>, with permission.

Figure 3. Ricciocarpos natans thallus, a species with lipids
and starch bodies that may help it survive winter. Photo by
Norbert Stapper, with permission.

Figure 4. Ricciocarpos natans section showing the many
chambers packed with small chlorophyllose cells. Photo by
Norbert Stapper, with permission.

Frost Damage
Those venues of green in the spring attest to the
survival of bryophytes through the winter, subjected to
frost before snow cover arrives and subsisting at near 0°C
under the snow. But few studies give us specifics on what
species survive and which ones are damaged.
Fletcher (1982) had the opportunity to document the
frost responses of a number of species in cultivation.
Among the winter survivors, reaching temperatures as low
as -3°C, are species from New Zealand [Papillaria crocea
(Figure 7), Hypopterygium spp. (Figure 8), Rhizogonium
bifarium (see Figure 9), Cyathophorum bulbosum (Figure
10), Eriopus brownii], South Africa [Hypopterygium sp.],
Australia
[Gigaspermum
repens
(Figure
11),
Goniomitrium acuminatum subsp. enerve (=Goniobryum
enerve; Figure 12)], and Florida, USA [Rhizogonium
spiniforme (Figure 13)].
Even the delicate-looking
Takakia lepidozioides (Figure 14-Figure 15) remains
healthy. As we might expect, the widespread mosses
Sphagnum spp. (Figure 16) and Mnium spp. [probably
Plagiomnium since no Mnium species are present in New
Zealand (NZOR 2015); Figure 17] survive the frost. On
the other hand, Haplomitrium hookeri (Figure 18) from
New Zealand and H. mnioides (Figure 19) from Japan had
no healthy plants remaining after an exposure to -3°C,
despite their ability to survive and grow in the winters in
their native habitats.
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Figure 9. Rhizogonium novae-hollandiae. Rhizogonium
bifarium survives temperatures as low as -3°C in New Zealand.
Photo by Niels Klazenga, with permission.

Figure 7. Papillaria crocea, a winter survivor in NZ. Photo
by Janice Glime.

Figure 8. Hypopterygium didictyon, a genus that can
withstand temperatures to -3°C. Photo by Juan Larrain, with
permission.

Figure 10. Cyathophorum bulbosum from Tasmania, a
moss that survives freezing. Photo by Vita Plasek, with
permission.

Figure 11. Gigaspermum repens with capsules, a moss that
tolerates freezing in Australia. Photo by David Tng, with
permission.
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Figure 12. Goniomitrium acuminatum subsp. enerve with
capsules, a moss that tolerates freezing in Australia. Photo by
David Tng, with permission.

Figure 13. Rhizogonium spiniforme with capsule, a moss
that tolerates frost. Photo by Janice Glime.

Figure 15. Takakia lepidozioides, a winter survivor. Photo
from the Digital Herbarium of University of Hiroshima, with
permission.

Figure 14. Takakia lepidozioides in its native habitat in
Japan. This moss species remains healthy through the Hokkaido
winters. Photo from the Digital Herbarium of the University of
Hiroshima, with permission.

Figure 16. Sphagnum cristatum, a New Zealand species
that survives in winter there. Photo by Janice Glime.
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this prevents the intracellular freezing that could be fatal.
Following that experience, the leaves can be cooled down
to -30°C without injury. The slow freezing prevents the
formation of extensive extracellular ice. Young shoots,
however, cannot withstand temperatures below -12°C.

Figure 17. Plagiomnium novae-zealandiae from New
Zealand. Photo by Jan-Peter Frahm, with permission.

Figure 20. Plagiomnium undulatum, a moss that uses
extracellular freezing to prevent intracellular crystal formation.
Photo by Michael Lüth, with permission.

Figure 18. Haplomitrium hookeri, a liverwort that is
sensitive to freezing in the lab but survives it in the field. Photo
by Des Callaghan, with permission.

Among the thallose liverworts, Lunularia (Figure 21),
Pellia (Figure 22), Preissia (Figure 23-Figure 24),
Riccardia (Figure 25), Riccia (Figure 26), and Marchantia
polymorpha (Figure 27), all survive frost (Fletcher 1982)
and remain healthy. On the other hand, the thallose
liverworts Moerckia blyttii (Figure 28-Figure 29),
Symphogyna sp. (Figure 30), Corsinia coreandra (Figure
31-Figure 32), and Asterella (Figure 33) all can become
severely bleached when subjected to frost. Dumortiera
hirsuta (Figure 34-Figure 35) doesn't die, but it becomes
blackened. Similarly, Fossombronia (Figure 36) and
Anthocerotophyta experience decay, but for them the
decay is a normal winter occurrence; growth resumes in the
spring. In the greenhouse, which reaches -5.5°C, Asterella
and Monoclea forsteri (Figure 37) are blackened by frost,
whereas Marchantia spp, Dumortiera hirsuta, Anthoceros
punctatus (Figure 38), and Phaeoceros laevis (Figure 39)
remain healthy in the same greenhouse.

Figure 19. Haplomitrium mnioides, a liverwort that is
sensitive to freezing in the lab but survives it in the field. Photo
by Li Zhang, with permission.

Experiences with freezing in Plagiomnium undulatum
(Figure 20) may help us to understand some of these
differential responses (Hudson & Brustkern 1965). If this
moss is cooled slowly, it experiences extracellular freezing;

Figure 21. Lunularia cruciata, a frost-tolerant thallose
liverwort. Photo from <www.aphotofauna.com>, with permission.
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Figure 22. Pellia endiviifolia males with reddish antheridial
cavities & females in center, a species that survives freezing.
Photo by David Holyoak, with permission.
Figure 25. Riccardia sp, a thallus that survives freezing.
Photo by Niels Klazenga, with permission.

Figure 23. Preissia quadrata with archegoniophore, member
of a genus that survives freezing. Photo by Michael Lüth, with
permission.

Figure 26. Riccia beyrichiana, a genus that is able to
survive frost – and desiccation. Photo by Jan-Peter Frahm, with
permission.

Figure 24. Preissia quadrata thallus section showing several
globose oil bodies that may help it to survive desiccation and
freezing. Photo by Kristian Peters, with permission.

Figure 27. Marchantia polymorpha with gemmae cups, a
species that survives frost. Photo by Michael Lüth, with
permission.
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Figure 28. Moerckia blyttii, a liverwort that is sensitive to
frost, becoming bleached.
Photo by Michael Lüth, with
permission.

Figure 31. Corsinia coriandrina, a thallose liverwort that is
sensitive to frost under some conditions. Note bleached tissues,
especially in the bottom center. Photo by Michael Lüth, with
permission.

Figure 29. Moerckia blyttii habitat. Photo by Michael Lüth,
with permission.

Figure 32. Corsinia coriandrina in its habitat on a ledge, a
thallose liverwort that is sensitive to frost under some conditions.
Photo by Michael Lüth, with permission.

Figure 30. Symphyogyna podophylla, a liverwort genus in
which one species is sensitive to frost and becomes bleached.
Photo by Andras Keszei, with permission.

Figure 33. Asterella lindenbergiana, a thallose liverwort
that is sensitive to frost. Photo by Michael Lüth, with permission.
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Figure 37. Monoclea forsteri, a species that is blackened by
frost. Photo by Jan-Peter Frahm, with permission.
Figure 34. Dumortiera hirsuta, a thallose liverwort that is
sensitive to frost and becomes blackened, but doesn't die. Photo
by Michael Lüth, with permission.

Figure 38. Anthoceros punctatus, a species that survives to
-5.5°C. Photo by Jonathan Sleath, with permission.

Figure 35. Dumortiera hirsuta habitat. Photo by Michael
Lüth, with permission.

Figure 39. Phaeoceros laevis with capsules, a species that
remains healthy to -5.5°C. Photo by Michael Lüth, with
permission.

Figure 36. Fossombronia angustata, a species in which
frost causes decay, a normal winter occurrence. Note the patches
of colorless plants. Photo by Michael Lüth, with permission.

Corsinia coreandra (Figure 31-Figure 32) is a puzzle.
It is a xerophyte, but in cultivation frost causes it to become
bleached (Fletcher 1982). At the same time in the same
garden as the cultivation containers, it remains healthy on
an exposed wall top and likewise remains healthy in the
greenhouse that goes down to -5.5°C.
Much of what we know about cold tolerance has come
from Antarctic studies. The Antarctic continent has only

7-9-10

Chapter 7-9: Water Relations: Winter Physiology

2% of its land free from ice (Seppelt & Ochyra 2008).
These areas are dominated by bryophytes (24 species of
mosses; 1 liverwort), lichens, and algae.
We have learned that macromolecular substances (iceactive substances or IASs) can modify the shape of the
growing ice crystals (Raymond & Fritsen 2001). These
semipurified substances from Bryum sp. (Figure 40) from
the Antarctic contain both protein and carbohydrate. The
substances lose most of their recrystallization ability by
heat treatment. Raymond and Fritsen suggest that these
substances might increase freezing tolerance by preventing
ice recrystallization.

Ice Crystals
Ice crystals can cause plant tissues to dry out. Ice
crystals are very hygroscopic and thus their presence can
result in water being drawn out of tissues. But they also
gather water from the atmosphere. Moffett et al. (2009)
suggest that these ice crystals can sequester water that
becomes available when they melt. Because bryophytes
are able to absorb water through their leaves, this water can
be immediately available and provide rapid rehydration.
Rod Seppelt (pers. comm. 7 April 2015) does not
consider it to be unusual that Ricciocarpos natans (Figure
2-Figure 4) and Riccia fluitans (Figure 5) can be encased
in ice or survive under a layer of snow. As he points out,
temperatures within the ice are not typically very cold. As
an example, he cites putting a pot of water 80 cm under the
Alaskan snow overnight. The air temperature that night
dipped to -22°C, but the pot of water remained unfrozen.
Of course dehydration caused by freezing can have
other consequences. Dependence on the symbiont Nostoc
is interrupted and nitrogen fixation is significantly reduced
in winter due to dehydration resulting from freezing in the
epiphytic leafy liverwort Porella (Figure 42-Figure 43) in
Oregon, USA (De Gezelle 2003).

Figure 40. Bryum pseudotriquetrum in Antarctica, a species
in which protein and carbohydrate might increase freezing
tolerance by preventing ice recrystallization. Photo by Catherine
Beard, with permission.

Some bryophytes thrive in habitats where they
regularly get exposed to sub-zero temperatures.
Bryoxiphium norvegicum (Figure 41) is such a species
(Shirasaki 1984).
In Japan, B. norvegicum subsp.
japonicum lives in an altitudinal range of 80-2350 m, being
most abundant in districts where deep snow covers the
ground for a long period. But it does not grow where the
snow is, but rather grows on the vertical sides of
overhanging rocks in ravines. Hence, it survives winter
without the protection of snow, but it is sheltered by the
rocks from the cold, desiccating winds.

Figure 41. Bryoxiphium norvegicum, a species that grows
on vertical surfaces where it is exposed to sub-zero temperatures
without snow cover in winter. Photo by Bob Klips, with
permission.

Figure 42. Porella cordeana in one of its vertical habitats
where the symbiotic Cyanobacterium Nostoc provides it with
needed nitrogen. Photo by Michael Lüth, with permission.

Figure 43. Porella cordeana on a vertical substrate, a
species that suffers in winter from diminished nitrogen fixation by
its symbiont. Photo by Michael Lüth, with permission.
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Desiccating Conditions
If you have ever gone out in early spring in areas
where there is snow cover all winter, bryophytes provide a
refreshing green cover on the newly emergent ground.
This fresh green color requires the presence of water to
rehydrate the tissues. But where does it come from?
In many temperate regions, spring brings rain, hence
making rehydration an easy task. But in some regions, my
own home in the Keweenaw Peninsula of Michigan
included, snowmelt is followed by drought, and this is
exacerbated along roads by the sand and salt that was used
to provide traction for vehicles during winter ice and snow.
Nevertheless, in northern habitats, snowmelt can
provide water for a considerable time. In the Cairngorm
Mountains, Scotland, Kiaeria starkei (Figure 44) is
immediately ready for photosynthetic activity when its own
snow cover disappears (Woolgrove & Woodin 1996). It
has just spent its winter at temperatures of 0°C to slightly
above, but with no light penetration while the snow depth is
greater than 50 cm. When the snow disappears from it, its
tissue chlorophyll recovers rapidly to 250% of its winter
low and within two weeks its carbohydrate concentrations
increase by 60%. This moss has nitrate reductase activity
and is able to take advantage of pollutant nitrate,
accumulated by the snow, that becomes available as the
snow melts.

Figure 45. Anthelia juratzkana growing in a late snowbed
area. Photo by Michael Lüth.

Figure 46. Anthelia juratzkana showing dense alpine
growth. Photo by Michael Lüth, with permission.

Figure 44. Kiaeria starkei, a species that is ready to
photosynthesize as it emerges from the snow. Photo by Michael
Lüth, with permission.

One advantage for bryophytes is that they have a low
temperature compensation point.
Hence, snowbed
bryophytes such as Anthelia juratzkana (Figure 45-Figure
47) and Polytrichastrum sexangulare (Figure 48-Figure
49) can maintain photosynthesis at low temperatures with a
lower temperature compensation point of about -4 to -5°C.
Furthermore, A. juratzkana can survive in the dark under
cold, wet conditions for nine months with no effect on its
photosynthetic capability. This makes A. juratzkana well
adapted to grow in the border zone along permanent snow
patches. However, the net photosynthesis is reduced due to
an increase in respiration rate.
Polytrichastrum
sexangulare, on the other hand, does not tolerate this
border regime as well as does A. juratzkana.

Figure 47. Close view of the leafy liverwort Anthelia
juratzkana. Photo by Michael Lüth, with permission.
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Figure 48. Polytrichastrum sexangulare at alpine lake in
Europe. Photo by Michael Lüth, with permission.
Figure 50. Ceratodon purpureus in Antarctica, a species
with small leaf cells that do not accumulate ice crystals in winter.
Photo courtesy of Rod Seppelt.

Figure 49. Polytrichastrum sexangulare with water drops.
This species does not tolerate cold, dark storage in wet conditions
as well as Anthelia juratzkana is able to do. Photo by Michael
Lüth, with permission.

In tracheophytes, freezing can cause ice to form within
cells, potentially causing membrane damage and
subsequent loss of cell constituents. Lenne et al. (2010)
write "A dehydrating moss gathers no ice." Using the
widespread moss Ceratodon purpureus (Figure 50-Figure
51), they demonstrated that no ice accumulates in the cells
during freezing. But external ice does induce desiccation.
The effects of this desiccation depend on the cell type.
Water-filled hydroid cells cavitate like tracheophyte xylem
cells, becoming embolized (blocked, in this case by ice) at
-4°C. Parenchyma cells of the inner cortex of the stem
exhibit cytorrhysis (complete and irreversible collapse of a
plant cell wall due to loss of water through osmosis), losing
20% of their original volume at -20°C nadir temperature
(lowest temperature of a cycle). It is puzzling that
chlorophyll fluorescence shows no evidence of damage
after thawing from a -20°C event, especially since the sugar
concentrations are insufficient to confer freeze tolerance in
these conditions (see below). Furthermore, ice nucleation
occurs in hydrated tissues at ~-12°C. The answer to this
puzzle seems to lie in the desiccation itself. No damage
occurs to those desiccated mosses at -20°C. The very
desiccating nature of ice crystals appears to be the

Figure 51. Ceratodon purpureus with capsules, a species
that gathers no internal ice. Photo by Ivanov, with permission.

This desiccation relationship is supported in the
Antarctic moss Polytrichum juniperinum (Figure 52)
wherein repeated freeze-thaw cycles cause a greater
reduction in photosynthesis than constant freezing for the
same time period (Kennedy 1993). This is much like the
effect of repeated dehydration/rehydration that causes a net
carbon loss. This is supported by the observation that
freeze-thaw cycles every 12 hours cause more damage than
those every 24 or 48 hours. Most of the damage occurs
during the first cycle with little occurring during
subsequent cycles. Kennedy found that at 10°C the gross
CO2 flux is directly proportional to moss water content
between 0.3 and 3.5 g g-1 dry mass. Mosses with a low
water content withstand freeze-thaw cycles to sub-zero
temperatures better than do samples with a high water
content. Kennedy suggests that on Signy Island in the
Antarctic the populations of Polytrichum juniperinum may
be limited in distribution by sub-zero temperatures and
freeze-thaw cycles at times when snow cover is insufficient
to provide insulation.
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Crossidium crassinervium (Figure 54), from the
Mojave Desert, benefits from late winter rain because it
permits the moss to dry slowly (several days), whereas in
summer the moss dries in as little as 3 hours (Stark 2005).
The winter months of October to April constitute the
hydrated period for this species, with hydration periods
lasting 3.7-4.9 days.

Figure 52. Polytrichum juniperinum, a moss that is
damaged by freeze-thaw cycles when snow cover does not
provide insulation. Photo by Jan-Peter Frahm, with permission.

Davey (1997) examined Antarctic bryophytes and
demonstrated the importance of water. The photosynthetic
rate decreased as the length of the dehydration period
increased in all bryophytes examined. The photosynthetic
capacity is affected by stress, and Davey found that both
desiccation and winter freezing caused a loss of
photosynthetic capacity.
But the base level of
photosynthetic capacity is able to survive both.
Furthermore, frequent dehydration and rehydration cycles
cause a loss of photosynthetic rate that is greater than that
in continuous dehydration. Davey hypothesized that water
availability is an important contributor to the distribution of
bryophytes in the Antarctic, where winter-like weather can
occur on almost any day of the year.
Barker et al. (2005) found bleaching in Syntrichia
caninervis (Figure 53) during winter in the Mojave Desert,
USA. They attributed this loss of green color to frequent
rain events during warmer months that year, citing
appearance of chlorosis just after that. This is consistent
with the effects of frequent dehydration-rehydration events
seen by Davey (1997). Under this regime, particularly for
short, light rainfall events, the plants do not have enough
time to repair membranes before they become dehydrated
again, thus losing energy with each mild rainfall event.
This leaves them with diminished color for the winter, a
condition hopefully to be repaired in the spring.

Desiccation tolerance is seasonal, probably in most
bryophytes. Only the moss Andreaea rothii (Figure 55Figure 56) failed to show seasonal variation in net
assimilation following 24 hours of remoistening, compared
to clear seasonal differences in the leafy liverwort
Plagiochila spinulosa (Figure 57-Figure 58) and mosses
Hylocomium splendens (Figure 59), Scorpiurium
circinatum (Figure 60), Syntrichia ruralis (Figure 61Figure 62), and Racomitrium aquaticum (Figure 63-Figure
64) (Dilks & Proctor 1976). Those with seasonal variation
usually had low desiccation tolerance in autumn and winter
and greater tolerance in spring and summer. Hylocomium
splendens differed in having relatively high tolerance in
January (winter), with little change from then until July.

Figure 53. Syntrichia caninervis, a desert species that
suffers from too much rain in winter by losing its green color.
Photo by Michael Lüth, with permission.

Figure 55. Andreaea rothii, a species that shows no
seasonal variation in its net assimilation following 24 hours of
hydration. Photo by Michael Lüth, with permission.

Figure 54. Crossidium crassinervium, a moss that benefits
from late winter rains in the desert. Photo by Michael Lüth, with
permission.

Desiccation Tolerance
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Figure 56. Andreaea rothii in a typical vertical rock habitat
where snow does not accumulate. Photo by Michael Lüth, with
permission.

Figure 59. Hylocomium splendens with clinging snow, a
moss that exhibits seasonal differences in photosynthesis. Photo
by Michael Lüth, with permission.

Figure 57. Plagiochila spinulosa in a soil bank habitat
where it exhibits seasonal differences in photosynthesis. Photo by
Michael Lüth, with permission.
Figure 60. Scorpiurium cirrcinatum, a moss that exhibits
seasonal differences in photosynthesis. Photo by Michael Lüth,
with permission.

Figure 58. Plagiochila spinulosa, a leafy liverwort that has
seasonal differences in its hydrated photosynthetic rate. Photo by
Michael Lüth, with permission.

Figure 61. Syntrichia ruralis habitat in a cliff splash zone.
Photo courtesy of Betsy St Pierre.
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Figure 62. Syntrichia ruralis, a species that shows seasonal
differences in photosynthetic rates. Photo by Michael Lüth, with
permission.

Figure 63. Racomitrium aquaticum, a species that has more
desiccation tolerance in spring and summer than in other seasons
and has seasonal photosynthetic differences. Photo by Aimon
Niklasson, with permission.
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their natural desiccation tolerance already gave them
adequate protection during cryopreservation. What is it
about freezing that actually kills or damages the
bryophytes? Crystals can damage the membranes, but isn't
the real damage ultimately desiccation damage? For
example, 90-100% of the protonemata of the desiccationtolerant Bryum rubens (Figure 65) survived freezing,
whereas only 30% of those encapsulated and 20% nonencapsulated Ditrichum cornubicum (Figure 66)
protonemata, with limited desiccation tolerance, survived
freezing. These two species each had slightly better
survival numbers after 18 days of desiccation with no
freezing.
Cyclodictyon laete-virens (Figure 67), a
desiccation-intolerant species, did not survive desiccation
or freezing. In D. cornubicum, pretreatment with sucrose
or ABA in the medium caused a reduction in growth rate of
the protonemata, but these compounds resulted in a high
level of protection against tissue damage in both
dehydration and freezing – 100% regeneration of pretreated
plants after thawing compared to 53% of controls (Burch &
Wilkinson 2002). Sucrose plus ABA gave the best results.

Figure 65. Bryum rubens, a moss whose protonemata are
desiccation-tolerant and survive freezing.
Photo by Des
Callaghan, with permission.

Figure 64. Racomitrium aquaticum in one of its habitats.
Photo by Michael Lüth, with permission.

Burch (2003) noted that some mosses are able to
survive
cryopreservation
(preservation
at
low
temperatures) with no prior treatment. She suggested that

Figure 66.
Ditrichum cornubicum, a moss whose
protonemata have limited desiccation tolerance and low freezing
survival. Photo by David T. Holyoak, with permission.
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to accomplish desiccation protection by out-competing the
larger nucleating bacteria. These small species are sprayed
on oranges to protect them. Such proteins or bacteria form
centers for ice formation on the outsides of cells, providing
a protective covering (Zachariassen & Kristiansen 2000).

Figure 67. Cyclodictyon laete-virens, a moss that does not
survive desiccation or freezing. Photo by Des Callaghan, with
permission.

Syntrichia ruralis (Figure 62) is one of the model
organisms for studying desiccation tolerance. When
subject to slow freezing at 3°C decrease in temperature per
hour to -30°C, hydrated Syntrichia ruralis suffers only
temporary metabolic changes, and these are reversible
(Malek & Bewley 1978). Malek and Bewley attributed the
changes to desiccation tolerance resulting from
extracellular ice formation. When this same moss is
subject to rapid freezing in liquid nitrogen and rapid
thawing in 20°C water, all aspects of its metabolism
deteriorate. Ribosomes, proteins, and ATP levels decrease
and protein synthesis activity is rapidly lost. Malek and
Bewley suggest that these problems are the result of
intracellular ice crystals. Changing the freezing rate to
60°C per hour – a slower rate than in liquid N, but still a
rapid rate – only reduces the levels of ATP and protein
synthesis.
The polyribosomes (protein-synthesizing
apparatus) remain intact and active 24 hours after the
freeze-thaw cycle. Segreto et al. (2010) reported that all
species cryopreserved in situ regenerated mostly through
budding; the number of regenerating samples correlates
positively to desiccation tolerance and show higher frost
tolerance than previously thought. Herbarium samples up
to 7 years old of the most desiccation-tolerant species
regenerate by protonemata; shoot tips regenerate better than
small plant fragments.
Desiccation tolerance can be an antagonistic (one
species benefits at the expense of another) interaction.
Sphagnum fuscum (Figure 68) and Dicranum elongatum
(Figure 69) dominate a subarctic mire (Sonesson et al.
2002). In winter, Sphagnum fuscum growth increased
when Dicranum elongatum was its immediate neighbor,
but D. elongatum grew better when it grew with other
members of its own species. Neither increased temperature
nor UV-B radiation affected these relationships, implying
that moisture relations were probably important.

Ice-nucleating Proteins
Ice-nucleating proteins can help to create desiccating
conditions and prevent cell freezing. These proteins are
small structures that become surrounded by ice, but the
water does not crystallize. The principle has been used by
orange growers to prevent desiccation of the fruits during
winter freezing events. Small nucleating bacteria are able

Figure 68. Sphagnum fuscum, a species that benefits from
having Dicranum elongatum as its neighbors. Photo by Michael
Lüth, with permission.

Figure 69. Dicranum elongatum, a mire species that
benefits from association with its own species more than by
associating with Sphagnum fuscum. Photo by Michael Lüth,
with permission.

Clouds use nucleation centers to create their
precipitation (Ahern et al. 2007). Bacteria have been
known from clouds for a long time. Clouds may be an
ideal habitat for these bacteria to live and thrive. Ahern
and coworkers found 100 OTUs (operational taxonomic
units – used when species cannot be named) among 256
clones from clouds. Half of these were identified as
bacteria from psychrophilic terrestrial habitats (habitats
where low-temperature-tolerant organisms can live).
Among these bacteria, a mix of fluorescent Pseudomonas
species dominate and some are known ice nucleators. But
none of the cultures demonstrated the ice-nucleation gene.
Rather, 55% of the isolates from cloud and rain samples
had significant biosurfactant activity.
Surfactants
influence droplet size and are important in lowering the
critical supersaturations necessary for activating aerosols
into cloud condensation nuclei. Such bacteria facilitate
water scavenging and counteract desiccation. Could they
perform such functions in some bryophytes?
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In Sphagnum capillifolium (Figure 70-Figure 71) the
chlorophyllous (containing chlorophyll) cells exhibit
extended freezing cytorrhysis immediately after ice
nucleation at -1.1°C in water (Buchner & Neuner 2010).
This cytorrhysis is exhibited as cell shrinkage that appears
within only 2 seconds. And the shrinkage is significant –
82%, with chloroplast diameter reduction from 8.9 to 3.8
μm. This is accompanied by a sudden rise in chlorophyll
fluorescence. On the other hand, frost damage occurs at a
much lower temperature (LT50 at -16.1°C) (LT50 =
median time until death after exposure of organism to toxic
substance or stressful condition). The ice-nucleation
temperature of -1.1°C is likewise the temperature threshold
of PS II. Surprisingly, the LT50 for freezing in S.
capillifolium is higher than that in most tracheophytes in
the European Alps in the summer.
Atmospheric Source
One big question in this story is the source of the
nucleating proteins. Until recently, bacteria seemed to be
the only organic source of nucleating proteins (Möhler et
al. 2008). But only a few bacteria, the pseudomonads,
seem capable of this role (Lindow 1983; Ahern et
al. 2007). This notion has been challenged by the research
of Kieft and coworkers (Kieft 1988; Kieft & Ahmadjian
1989; Kieft & Ruscetti 1990) and more recently by Moffett
et al. (2009).
Bauer et al. (2002) supported their challenge and
reported that both bacteria and fungal spores contribute to
the organic content of cloud water. In fact, the fungal
spores in clouds of the Austrian Alps contribute 1.5% of
the organic content, whereas the bacteria contribute only
0.01%. Although Pouleur and coworkers did not discuss
the roles of these groups in nucleation, their study (Pouleur
et al. 1992) suggests that slime molds might also provide
nucleating proteins.
Hyphomycetous fungi (Fusarium spp.; Figure 72)
were also added to the list of organisms providing
nucleating proteins to clouds (Pouleur et al. 1992). We
also know that the fungal partner of at least some lichens
contribute nucleating proteins (Kieft 1988; Kieft &
Ahmadjian 1989; Kieft & Ruscetti 1990) and that the
Fusarium proteins are more similar to those of lichens than
to those of bacteria (Pouleur et al. 1992).

Figure 70. Sphagnum capillifolium, a species that loses
chlorophyll in response to chilling. Photo by Michael Lüth, with
permission.

Figure 71. Sphagnum capillifolium in Chile, showing plants
with diminished chlorophyll. Photo by Juan Larrain, with
permission.

Figure 72. Fusarium with macroconidia, a filamentous
fungal genus that serves as an ice-nucleating center. Photo by
Ninjatacoshell, through Creative Commons.

Despres et al. (2007) determined aerosol particles in
the air by using DNA sequencing. They found that most of
the bacteria were Proteobacteria, with some
Actinobacteria and Firmicutes. Fungal DNA came from
Ascomycota and Basidiomycota, most likely from spores.
Two different DNA sequences came from moss spores.
Christner et al. (2008) reported that ice nucleators are
widespread in snowfall and the most active ones are
biological. Most of these are bacteria. Many of these
nucleators, therefore, are likely to be added to the mosses
during snowfall and may contribute their survival of low
temperatures and winter desiccation.
Fukuta (1966) found that more than 20 organic
compounds out of 329 were able to nucleate ice at
temperatures >-5°C. Hence, it is possible that even
pollutants may contribute to nucleation of water on
bryophytes.
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Nucleating Proteins in Lichens

Compounds for Winter?

Our knowledge of lichens may help us to understand
the nucleation relationship in bryophytes. Like bryophytes,
lichens are able to survive year round and renew their
photosynthetic activity when suitable temperatures and
hydration resume. Perhaps the response of lichens can give
us some insight into moss behavior relative to nucleation.
Most of the epilithic (rock-dwelling) lichens (Rhizoplaca,
Xanthoparmelia, and Xanthoria) tested by Kieft (1988) had
ice nucleation at temperatures above -8°C, whereas their
substrates showed negligible nucleation above that
temperature. The nucleation activity in the lichen appears
to be non-biological. No nucleation-active bacteria could
be isolated, and the activity did not cease when the lichen
was heated to 70°C or subjected to sonication. An axenic
culture of the fungal part of the lichen Rhizoplaca
chrysoleuca showed nucleation activity at -1.9°C. Kieft
hypothesized that these frost-tolerant lichens benefit from
increased moisture deposition that results from ice
nucleation.
Henderson-Begg et al. (2009) remind us that for water
to freeze above -36.5°C requires the activity of an ice
nucleator. Bacteria are the best known of these, inducing
freezing at temperatures up to -1.8°C, but seem to be of
little importance in the lichens. The nucleators are
common in lichens and can become airborne. Many of
these are non-bacterial, but are biological, probably fungal
and lichen.
There are several studies that support the presence of
lichen fragments in the atmosphere (Tormo et al. 2001;
Ahern et al. 2007). Marshall (1996) demonstrated that
lichen soredia (asexual reproductive structures) were the
most abundant of the airborne propagules of lichens, with
peaks occurring after the winter snowmelt while subzero
temperatures continued.
Kieft and Ahmadjian (1989) found that of 14 species
of mycobionts (fungal partners) in lichens, five have nuclei
active at -5°C. However none of the 13 photobionts (algae
& Cyanobacteria) have ice-nucleating activity at -5°C or
warmer. Hence, the ice-nucleating nuclei are produced by
the fungal partner of the lichen. Kieft and Ahmadjian
suggested that these ice-nucleating proteins are involved in
moisture uptake and frost protection.
Kieft and Ruscetti (1990) found that biological ice
nuclei in the lichen Rhizoplaca chrysoleuca were active at
~-4°C. Their sensitivity to various substances indicated
that they were proteinaceous, and they were relatively heat
stable and active without lipids, demonstrating that they
were significantly different from bacterial ice nuclei.

Bryophytes produce record numbers of secondary
compounds. These are best known for their antibiotic
effects, but they can also play a role in both drought
tolerance and freezing survival (Xie & Lou 2009). Among
these, bibenzyls and bis(bibenzyls) have desiccation
tolerance activity; phenylpropanoids have freeze tolerance
activity. But the nature of these activities is unknown.
We know from several studies that the proportions of
various fatty acids change with temperature (Saruwatari et
al. 1999).
Among these, linolenic acid and
eicosapentaenoic acid might increase freezing-tolerance, as
suggested by Marchantia polymorpha (Figure 27). Xie
and Lou (2009) likewise reported the freeze tolerance
activity of fatty acid derivatives in bryophytes.

Nucleating Proteins as a Source of Water
Lindow (1983) found that ice-nucleation activity
occurs primarily in the outer membrane of the cells of
Pseudomonas syringae and Escherichia coli into which it
has been inserted.. It does not occur in soluble components
of these cells. The ability of the ice-nucleating bacteria to
operate depends on incubation temperature, growth
medium composition, culture age, and genotype (Lindow et
al. 1982). Their optimum conditions for nucleation in
culture occur on nutrient agar containing glycerol at 2024°C. Their ability to mitigate ice injury on corn seedlings
depends on the bacterial population size and the number of
ice nuclei active at that temperature.

Figure 73. Mnium hornum forest floor habitat. Photo by
Michael Lüth, with permission.

Sugars
Sugar concentrations have a role in frost tolerance.
Sucrose can increase the ability of bryophytes to tolerate
rapid drying (Stark & Brinda 2015).
Among the
bryophytes tested by Rütten and Santarius (1992), only
Mnium hornum (Figure 73-Figure 74) among seven
Bryidae and one of Marchantiidae lack an increase in
sucrose concentration concomitant with an increase in frost
hardiness. Insignificant changes in glucose and fructose
contents accompany these frost hardiness events.

Brachythecium rutabulum (Figure 75-Figure 76) and
Hypnum cupressiforme (Figure 77-Figure 78) have high
sucrose concentrations in summer, similar to those of other
species in winter, and thus are frost tolerant even in
summer (Stark & Brinda 2015). Those mosses that are
highly frost-resistant have a total sugar concentration of
~90-140 mM. Of this sugar, 80-90% is sucrose. Artificial
degradation of the sucrose during higher temperatures
causes a decline in cold hardiness, supporting the
hypothesis that it is important in frost hardiness in these
species.
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Figure 77. Hypnum cupressiforme in one of its many
habitats. Photo by Dick Haaksma, with permission.

Figure 74. Mnium hornum, a moss that does not contain
more sugar with its frost hardiness. Photo by Michael Lüth, with
permission.

Figure 78. Hypnum cupressiforme, a species with high
sucrose content and high frost tolerance, even in summer. Photo
by Michael Lüth, with permission.

Figure 75. Brachythecium rutabulum forest floor habitat in
England. Photo by Janice Glime.

Figure 76. Brachythecium rutabulum, a species with high
sucrose content and high frost tolerance, even in summer. Photo
by Michael Lüth, with permission.

Some species [Polytrichastrum formosum (Figure 79Figure 81), Atrichum undulatum (Figure 82),
Plagiomnium affine (Figure 83-Figure 84), Mnium
hornum (Figure 73-Figure 74), Pellia epiphylla (Figure
85-Figure 86)] exhibit a distinct increase in cold tolerance
from summer to winter (Rütten & Santarius 1992). Mosses
have significant differences in frost resistance between
summer and winter (15->25°C), but the thallose liverwort
Pellia epiphylla experiences relatively little winter
hardening capacity.

Figure 79. Polytrichastrum formosum on the forest floor in
Europe. Photo by Michael Lüth, with permission.
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Figure 80. Polytrichastrum formosum with frost, a species
that has a distinct increase in cold tolerance from summer to
winter. Photo by Aimon Niklasson, with permission.
Figure 83. Plagiomnium affine forest floor habitat. Photo
by Michael Lüth, with permission.

Figure 81. Polytrichastrum formosum leaf lamellae. The
role of lamellae in frost protection is unknown. Photo by Michael
Lüth, with permission.

Figure 82. Atrichum undulatum, a species that has a
distinct increase in cold tolerance from summer to winter. Photo
by David T. Holyoak, with permission.

Figure 84. Plagiomnium affine, a species that has a distinct
increase in cold tolerance from summer to winter. Photo by
Janice Glime.

Figure 85. Pellia epiphylla protected habitat under grass
bank of flush in Wales. Photo by Janice Glime.
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Figure 86. Pellia epiphylla, a species that has a distinct
increase in cold tolerance from summer to winter. Photo by
David T. Holyoak, with permission.

Melick and Seppelt (1994) suggest that the lack of
significant changes in soluble carbohydrates in Antarctic
bryophytes may result from the extreme climate and the
rapid temperature fluctuations during the growing season.
On the other hand, maximum water content is present in the
summer. Chlorophyll levels decrease in winter in both
total chlorophyll and the chlorophyll a:b ratio, as do the
total carotenoids. This decrease may be a response to low
light levels that are insufficient for making more pigment.
Using the Physcomitrella patens (Figure 87)
protonema as a model organism, Nagao et al. (2003, 2005)
concluded that ABA-induced soluble sugars play a role in
freezing tolerance. The accumulation of the sugars, at the
expense of starches, is associated with morphological
changes in the organelles and reduce freezing-induced
structural damage to the plasma membrane, while the
freezing tolerance of the protonemal cells increases. Nagao
et al. (2006) identified the sugar as theanderose, a sucrose
that occurs in close association with ABA treatment that
enhances freezing tolerance. Cycloheximide inhibits the
accumulation of theanderose, resulting in a marked
decrease in freezing tolerance. The accumulation of
theanderose is promoted during cold acclimation and
treatment with hyperosmotic solutes, both of which
increase cellular freezing tolerance.

Figure 87. Physcomitrella patens, a moss that stores the
sugar theanderose in preparation for winter. Photo by Michael
Lüth, with permission.
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Using the bryological lab rat Physcomitrella patens
(Figure 87), Oldenhof et al. (2006) demonstrated that
sucrose helps to protect cells during freezing and drying,
but accumulation of sucrose alone is not sufficient for
survival. ABA serves to cause this sucrose accumulation,
up to 22% of dry weight, but only 3.7% occurs in nonABA-treated tissues. A combination of ABA treatment and
the cryoprotectant DMSO permit the tissues to survive a
freeze-thaw cycle down to -80°C.
DMSO-mediated
changes involved in the membranes are important and may
be relevant to the essential desiccation tolerance.
Polyols may contribute to cold hardiness as well.
Tearle (1987) found that Antarctic lichens contained up to
three times the amount of polyols when compared to
temperate lichens, endowing them with extra freezing
protection. The soluble sugars and polyols from mosses
and lichens leach into the fellfield soils in the spring.
ABA
ABA is the stress hormone, and it plays a role in
freezing tolerance of plants as well (Minami et al. 2003;
Takezawa et al. 2011). Nevertheless, slow freezing of the
protonemata of Physcomitrella patens to -4°C under
normal growth conditions kills more than 90% of the cells.
Application of ABA for 24 hours causes a marked increase
in the freezing tolerance (see also Nagao et al. 2001, 2005,
2006). Cold treatment only slightly increases the freezing
tolerance within the same period. Treatment with ABA
causes a marked increase in expression of all the PPAR
genes within 24 hours. Several of these genes also respond
to cold, but much more slowly than they respond to ABA.
Treatment with hyper-osmotic concentrations of NaCl and
mannitol also increases the expression levels of
eleven PPAR genes and the freezing tolerance of the
protonemata. Minami and coworkers (2003) suggest that
these relationships indicate that stresses increase the
expression of genes that result in protection of the
protonemata, but the nature of that relationship is unclear.
Nevertheless, in Physcomitrella patens (Figure 87)
protonemata, as in tracheophytes, freezing tolerance
increases following incubation at low temperatures in the
range of 0-10°C, indicating the importance of acclimation
(Minami et al. 2005). This tolerance is accompanied by an
accumulation
of
several
transcripts
for
lateembryogenesis-abundant (LEA) proteins and boilingsoluble proteins. De-acclimation causes reduction in
expression of these proteins and loss of freezing tolerance.
But surprisingly, unlike events in tracheophytes, in P.
patens low-temperature-induced freezing tolerance does
not coincide with an increase in endogenous ABA, despite
increases in expression of stress-related genes. In short, the
acclimation is somewhat different from that of
tracheophytes.
These observations are further confounded by the
experiments of Minami et al. (2003) on Physcomitrella
patens (Figure 87). They found that treatment with ABA
for 24 hours greatly increases the freezing tolerance of the
protonemata; cold treatment alone has only a slight effect
on freezing tolerance. Even slow freezing to -4°C kills
more than 90% of the cells.
On the other hand,
hyperosmotic concentrations of NaCl and mannitol
increase freezing tolerance of protonemata.
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At the same time, research by Takezawa and Minami
(2004) identified genes coding for membrane transporterlike proteins. These newly identified proteins increase
considerably following treatment with low temperatures,
hyperosmotic solutes, or ABA. These genes are regulated
by calmodulin.
Arachidonic Acid
Prins (1982) suggested that one reason small mammals
eat mosses in winter is the content of arachidonic acids.
These fatty acids make membranes more pliable and may
make it easier for these rodents to run around on frozen
ground and snow. But what do these do for bryophytes in
winter? Does this extra flexibility also make it easier for
them to survive? One protection against freezing is the
ability to lose water, avoiding crystal formation that could
damage membranes and organelles.
With flexible
membranes and withdrawal of water, the cells could shrink
within the walls during the cold (and dry) period.
In Physcomitrella patens (Figure 87), production of
arachidonic acid increases with higher concentrations of
sugar (Chodok et al. 2010). Al-Hasan (1989) found that in
Bryum bicolor (Figure 88) more arachidonic acid is
produced at 5°C than at 25°C. Both of these studies
support the production of arachidonic acid as winter
approaches.

Figure 88. Bryum bicolor, a species that produces more
arachidonic acid at low temperatures than in warm ones. Photo
by Michael Lüth, with permission.

low temperatures (2°C). In fact, even in summer this
species can carry out protein synthesis at low temperatures.

Summary
One of the dangers of frost damage is desiccation.
Ice crystals on the inside of cells damage membranes
and those on the outside pull water from the cells.
Some bryophytes are protected by being encased in ice,
preventing the formation of crystals and insulating
against severe cold. Absence of vacuoles or having
only small vacuoles can help to protect the interior of
cells.
Many species survive winter and are ready for
photosynthesis when the snow disappears, using the
snowmelt water to rehydrate their tissues. Slow
cooling, like slow drying may be important in survival.
Extracellular freezing can protect against intracellular
freezing. Some macromolecular substances can modify
the shape of ice crystals in ways that do not damage the
cells. Some ice-nucleating structures, made by the
plants or available from the atmosphere, including
proteins, create a small crystalline structure likewise
protecting against damage from larger crystals. On the
other hand, some ice crystals on the outsides of the cells
can sequester water that is available at suitable
temperatures. Desiccation can protect the cells by
preventing crystal formation. Cell shrinkage helps to
prevent crystal formation. Frequent freeze-thaw cycles,
like dehydration-rehydration cycles, can damage the
cells if the hydration and photosynthetic period is
insufficient to repair membranes and accomplish a
carbon gain.
Polyribosomes are active immediately following
the freeze-thaw cycle. Lipids, starch bodies, sucrose,
ABA, bibenzyls, bis(bibenzyls), and phenylpropanoids
help to increase freezing and desiccation tolerance.
Arachidonic acid helps to make membranes more
pliable. These compounds permit some bryophytes to
have seasonal tolerance. In desert habitats winter is
often the best growing season because mosses remain
hydrated for several days following rainfall events.
Some species become bleached from frost damage,
but shoot tips and other parts may remain healthy and
provide new growth in spring.

Polyribosomes
Polyribosomes (cluster of ribosomes connected by a
strand of messenger RNA and active in protein synthesis)
respond to cooling temperatures. In the xerophytic moss
Syntrichia ruralis (Figure 61-Figure 62), when
temperatures descend to 2°C an accumulation of
polyribosomes occurs while the single ribosomes decrease
(Malek & Bewley 1978). This change in numbers reflects
rearrangement, but does not involve a change in the
number of ribosomal units. Slowly dried S. ruralis does
not contain any polyribosomes when rehydrated, but these
reform at 2, 8, and 20°C. Leucine rapidly incorporates into
the protein when the plants are rehydrated at 20°C, but its
incorporation is less dramatic at 2°C. Cold-hardened S.
ruralis has no changes in the rate of protein synthesis at

Acknowledgments
Thank you to Niels Klazenga, Marshall Crosby, and
Pina Milne for helping me track down the current
nomenclature for Goniobryum enerve. And of course a big
thank you to all who have given me permission to use their
images.

Literature Cited
Ahern, H., Walsh, K., Hill, T., and Moffett, B. F.
2007. Fluorescent pseudomonads isolated from Hebridean
cloud and rain water produce biosurfactants but do not cause
ice nucleation. Biogeosciences 4: 115-124.

Chapter 7-9: Water Relations: Winter Physiology

Al-Hasan, R. H., El-Saadawi, W. E., Ali, A. M., and Radwan, S.
S. 1989. Arachidonic and eicosapentaenoic acids in lipids
of Bryum bicolor Dicks. Effects of controlled temperature
and illumination. Bryologist 92: 178-182.
Alberdi, M., Bravo, L. A., Gutiérrez, A., Gidekel, M., and
Corcuera, L. J. 2002. Ecophysiology of Antarctic vascular
plants. Physiol. Plant. 115: 479-486.
Asada, T., Warner, B. G., and Banner, A. 2003. Growth of
mosses in relation to climate factors in a hypermaritime
coastal peatland in British Columbia, Canada. Bryologist
106: 516-527.
Atanasiu, L. 1971. Photosynthesis and respiration of three
mosses at winter low temperatures. Bryologist 74: 23-27.
Bailey, J. W. 1933. Mosses found near summer snowbanks.
Bryologist 36: 8-11.
Barker, D. H., Stark, L. R., Zimpfer, J. F., McLetchie, N. D., and
Smith, S. D. 2005. Evidence of drought-induced stress on
biotic crust moss in the Mojave Desert. Plant Cell Environ.
28: 939-947.
Bates, J. 2006. Effects of simulated climatic changes on the
bryophytes of a limestone grassland. Field Bryol. 89: 12-13.
Bauer, H., Kasper-Giebl, A., Loflund, M., Gieble, H.,
Hitzenberger, R., Zibuschka, F., and Puxbaum, H.
2002. The contribution of bacteria and fungal spores to the
organic carbon content of cloud water, precipitation and
aerosols. Atmos. Res. 64: 109-119.
Belland, R. J. 1983. A late snowbed bryophyte community in
western Newfoundland, Canada. Can. J. Bot. 61: 218-223.
Bjerke, J. W., Bokhorst, S., Zielke, M., Callaghan, T. V., Bowles,
F. W., and Phoenix, G. K. 2011. Contrasting sensitivity to
extreme winter warming events of dominant sub-Arctic
heathland bryophyte and lichen species. J. Ecol. 99: 14811488.
Björk, R. G. 2007. Snowbed Biocomplexity: A Journey from
Community to Landscape. Göteborg University, Göteborg.
Björk, R. G. and Molau, U. 2007. Ecology of alpine snowbeds
and the impact of global change. Arct. Antarct. Alp. Res. 39:
34-43.
Buchner, O. and Neuner, G. 2010. Freezing cytorrhysis and
critical temperature thresholds for photosystem II in the peat
moss Sphagnum capillifolium. Protoplasma 243: 63-71.
Burch, J. 2003. Some mosses survive cryopreservation without
prior pretreatment. Bryologist 106: 270-277.
Burch, J. and Wilkinson, T. 2002. Cryopreservation of
protonemata of Ditrichum cornubicum (Paton) (sic)
comparing the effectiveness of four cryoprotectant
pretreatments. Cryo-letters 23(3): 197-208.
Chodok, P., Kanjana-Opas, A., and Kaewsuwan, S. 2010. The
Plackett–Burman design for evaluating the production of
polyunsaturated fatty acids by Physcomitrella patens. J.
Amer. Oil Chem. Soc. 87: 521-529.
Christner, B., Morris, C., Foreman, C., Cai, R., and Sands,
D. 2008. Ubiquity of biological ice nucleators in snowfall.
Science 319: 1214-1215.
Davey, M. C. 1997. Effects of continuous and repeated
dehydration on carbon fixation by bryophytes from the
maritime Antarctic. Oecologia 110: 25-31.
Davey, M. C. and Rothery, P. 1996. Seasonal variation in
respiratory and photosynthetic parameters in three mosses
from the maritime Antarctic. Ann. Bot. 78: 719-728.
Deltoro, V. I., Calatayud, A., Morales, F., Abadía, A., and
Barreno, E.
1999.
Changes in net photosynthesis,
chlorophyll
fluorescence
and
xanthophyll
cycle
interconversions during freeze-thaw cycles in the

7-9-23

Mediterranean moss Leucodon sciuroides. Oecologia 120:
499-505.
Despres, V. R., Nowoisky, J. F., Klose, M., Conrad, R., Andreae,
M. O., and Poschl, U. 2007. Characterization of primary
biogenic aerosol particles in urban, rural, and high-alpine air
by DNA sequence and restriction fragment analysis of
ribosomal RNA genes. Biogeosciences 4: 1127-1141.
Dilks, T. J. K. and Proctor, M. C. F. 1976. Seasonal variation in
desiccation tolerance in some British bryophytes. J. Bryol.
2: 239-247.
Dorrepaal, E., Aerts, R., Cornelissen, J. H. C., Callaghan, T. V.,
and Logtestijn, R. S. P. van. 2004. Summer warming and
increased winter snow cover affect Sphagnum fuscum
growth, structure and production in a sub-arctic bog. Global
Change Biol. 10(1): 93-104.
Fletcher, M. 1982. Frost damage to bryophytes in cultivation.
Bryol. Times 15: 3.
Flock, J. W. 1978. Lichen-bryophyte distribution along a snowcover-soil-moisture gradient, Niwot Ridge, Colorado. Arct.
Alp. Res. 10: 31-47.
Fornwall, M. D. and Glime, J. M. 1982. Cold and warm-adapted
phases in Fontinalis duriaei Schimp. as evidenced by new
assimilatory and respiratory responses to temperature.
Aquat. Bot. 13: 165-177.
Forsum, Å, Laudon, H., and Nordin, A. 2008. Nitrogen uptake
by Hylocomium splendens during snowmelt in a boreal
forest. Ecoscience 15: 315-319.
Frahm, J.-P. 2006. Notulae Bryologicae Rhenanae 8: Moos
über-wintert im Eis. Arch. Bryol. 13: 1.
Fukuta, N. 1966. Experimental studies of organic ice nuclei. J.
Atmos. Sci. 23: 191-196.
Furness, S. B. and Grime, J. P. 1982. Growth rate and
temperature responses in bryophytes II. A comparative study
of species of contrasted ecology. J. Ecol. 70: 525-536.
Gaberščik, A. and Martinčič, A. 1987. Seasonal dynamics of net
photosynthesis and productivity of Sphagnum papillosum.
Lindbergia 13: 105-110.
Gezelle, J. M. De. 2003. The Contribution of the Porella/Nostoc
Association to the Nitrogen Budget of an Oregon OldGrowth Forest. Unpublished B. A. thesis, Reed College,
Portland, Oregon, 32 pp.
Heber, U., Bilger, W., and Shuvalov, V. A. 2006. Thermal
energy dissipation in reaction centres and in the antenna of
photosystem II protects desiccated poikilohydric mosses
against photo-oxidation. J. Exper. Bot. 57: 2993-3006.
Hébrard, J.-P., Foulquier, L., and Grauby, A. 1974. Appro che
experimentale sur les possibilites de transfert du 90Sr d'un
substrat solide a une mousse terrestre: Grimmia orbicularis
Bruch. Bull. Soc. Bot. France 121: 235-250.
Hedger, E. 2001. Environmental relationships of perichaetial and
sporophyte production in Andreaea spp. in western Norway.
J. Bryol. 23: 97-108.
Heegaard, E. 2002. A model of alpine species distribution in
relation to snowmelt time and altitude. J. Veg. Sci. 13: 493504.
Henderson-Begg, S. K., Hill, T., Thyrhaug, R., Khan, M., and
Moffett, B. F. 2009. Terrestrial and airborne non-bacterial
ice nuclei. Atmos. Sci. Lett. 10: 215-219.
Herbert, H. and Prins, T. 1982. Why are mosses eaten in cold
environments only? Oikos 38: 374-380.
Herrnstadt, I. and Kidron, G. J. 2005. Reproductive strategies of
Bryum dunense in three microhabitats in the Negev Desert.
Bryologist 108: 101-109.

7-9-24

Chapter 7-9: Water Relations: Winter Physiology

Horikawa, Y. and Ando, H. 1963. A review of the Antarctic
species of Ceratodon described by Cardot. Hikobia 3: 275280.
Hudson, M. A. and Brustkern, P. 1965. Resistance of young and
mature leaves of Mnium undulatum (L.) to frost. Planta 66:
135-155.
Hynninen, V. 1986. Monitoring of airborne metal pollution with
moss bags near an industrial source at Harjavalta, southwest
Finland. Ann. Bot. Fenn. 23: 83-90.
Jägerbrand, A. K. 2011. Effects of climate change on tundra
bryophytes. In: Tuba, Z., Slack, N. G., and Stark, L. R.
Bryophyte Ecology and Climate Change.
Cambridge
University Press, Cambridge, pp. 211-236.
John, E. A. 1990. Fine scale patterning of species distributions in
a saxicolous lichen community at Jonas Rockslide, Canadian
Rocky Mountains. Holarct. Ecol. 13: 187-194.
Kaiser, G. B. 1921. Little journeys into mossland, II. – A
February thaw. Bryologist 24: 5-6.
Kennedy, A. D. 1993. Photosynthetic response of the Antarctic
moss Polytrichum alpestre Hoppe to low temperatures and
freeze-thaw stress. Polar Biol. 13: 271-279.
Kieft, T. 1988. Ice nucleation activity in lichens. Appl. Environ.
Microbiol. 54: 1678-1681.
Kieft, T. L. and Ahmadjian, V. 1989. Biological ice nucleation
activity in lichen mycobionts and photobionts.
Lichenologist 21: 355-362.
Kieft, T. L. and Ruscetti, T. 1990. Characterization of biological
ice nuclei from a lichen. J. Bacteriol. 172: 3519-3523.
Laaka-Lindberg, S. and Heino, M. 2001. Clonal dynamics and
evolution of dormancy in the leafy hepatic Lophozia
silvicola. Oikos 94: 525-532.
Lai, Y. and Zhang, Y. 1994. The discovery and verification of
new winter hosts of du-ensiform gall aphid, Kaburagia
rhusicola. Forest Res. 7: 592-593.
Lenne, T., Bryant, G., Hocart, C. H., Huang, C. X., and Ball, M.
C. 2010. Freeze avoidance: A dehydrating moss gathers no
ice. Plant Cell Environ. 33: 1731-1741.
Li, X.-J. 1990. Study on the winter host mosses of gall aphids
from China. In: Koponen, T. (ed.). Congress of East
Asiatic Bryology, Helsinki. Programme and Abstracts, p. 26.
Lindow, S. 1983. The role of bacterial ice nucleation in frost
injury to plants. Ann. Rev. Phytopathol. 21: 363-384.
Lindow, S. E., Hirano, S. S., Barchet, W. R., Arny, D. C., and
Upper, C. D. 1982. Relationship between ice nucleation
frequency of bacteria and frost injury.
Plant
Physiology 70: 1090-1093.
Long, D. G., Rothero, G. P., and Paton, J. A. 2003. Athalamia
hyalina (Sommerf.) S. Hatt. in Scotland, new to the British
Isles. J. Bryol. 25: 253-257.
Longton, R. E. 1981. Inter-populational variation in morphology
and physiology in the cosmopolitan moss Bryum argenteum
Hedw. J. Bryol. 11: 501-520.
Longton, R. E. 1988. Adaptations and strategies of polar
bryophytes. Bot. J. Linn. Soc. 98: 253-268.
Longton, R. E. and Greene, S. W. 1969. The growth and
reproductive cycle of Pleurozium schreberi (Brid.) Mitt.
Ann. Bot. N. S. 33: 83-105.
Lösch, R., Kappen, L., and Wolf, A. 1983. Productivity and
temperature biology of two snowbed bryophytes. Polar Biol.
1: 243-248.
Lovelock, C. E. and Robinson, S. A. 2002. Surface reflectance
properties of Antarctic moss and their relationship to plant
species, pigment composition and photosynthetic function.
Plant Cell Environ. 25: 1239-1250.

Lovelock, C. E., Osmond, C. B., and Seppelt, R. D. 1995a.
Photoinhibition in the Antarctic moss Grimmia antarctici
Card when exposed to cycles of freezing and thawing. Plant
Cell Environ. 18: 1295-1402.
Lovelock, C. E., Jackson, A. E., Melick, D. R., and Seppelt, R. D.
1995b. Reversible photoinhibition in Antarctic moss during
freezing and thawing. Plant Physiol. 109: 955-961.
Malek, L. and Bewley, J. D. 1978. Effects of various rates of
freezing on the metabolism of a drought-tolerant plant, the
moss Tortula ruralis. Plant Physiol. 61: 334-338.
Markert, B. and Weckert, V. 1993. Time-and-site integrated
long-term biomonitoring of chemical elements by means of
mosses. Toxicol. Environ. Chem. 40: 43-56.
Marshall, W. A. 1996. Aerial dispersal of lichen soredia in the
maritime Antarctic. New Phytol. 134: 523-530.
McDaniel, S. F. and Miller, N. G. 2000. Winter dispersal of
bryophyte fragments in the Adirondack Mountains, New
York. Bryologist 103: 592-600.
McLetchie, D. N. 1999. Dormancy/nondormancy cycles in
spores of the liverwort Sphaerocarpos texanus. Bryologist
102: 15-21.
Melick, D. R. and Seppelt, R. D. 1992. Loss of soluble
carbohydrates and changes in freezing point of Antarctic
bryophytes after leaching and repeated freeze-thaw cycles.
Antarct. Sci. 4: 399-404.
Melick, D. R. and Seppelt, R. D. 1994. Seasonal investigations
of soluble carbohydrates and pigment levels in Antarctic
bryophytes and lichens. Bryologist 97: 13-19.
Melick, D. R., Hovenden, M. J., and Seppelt, R. D. 1994.
Phytogeography of bryophyte and lichen vegetation in the
Windmill Islands, Wilkes Land, Continental Antarctica.
Vegetatio 111: 71-87.
Miller, N. G. 1989. Late-Pleistocene Anthelia (Hepaticae), an
arctic-alpine, snow-bed indicator at a low elevation site in
Massachusetts, U. S. A. J. Bryol. 15: 583-588.
Miller, N. G. and Howe Ambrose, L. J. 1976. Growth in culture
of wind-blown bryophyte gametophyte fragments from arctic
Canada. Bryologist 79: 55-63.
Milne, J. 2001. Reproductive biology of three Australian species
of Dicranoloma (Bryopsida, Dicranaceae):
Sexual
reproduction and phenology. Bryologist 104: 440-452.
Minami, A., Nagao, M., Arakawa, K., Fujikawa, S., and
Takezawa, D. 2003. Abscisic acid-induced freezing
tolerance in the moss Physcomitrella patens is accompanied
by increased expression of stress-related genes. J. Plant
Physiol. 160: 475-483.
Minami, A., Nagao, M., Ikegami, K., Koshiba, T., Arakawa, K.,
Fujikawa, S., and Takezawa, D. 2005. Cold acclimation in
bryophytes: Low-temperature-induced freezing tolerance
in Physcomitrella patens is associated with increases in
expression levels of stress-related genes but not with increase
in level of endogenous abscisic acid. Planta 220: 414-423.
Moffett, B. F., Hill, T., and Henderson-Begg, S. K. 2009. Major
new sources of biological ice nuclei.
The
Smithsonian/NASA Astrophysics Data System.
Möhler, O., Benz, S., Saathoff, H., Schnaiter, M., Wagner, R.,
Schneider, J., Walter, S., Ebert, V., and Wagner, S. 2008.
The effect of organic coating on the heterogeneous ice
nucleation efficiency of mineral dust aerosols. Environ. Res.
Lett. 3(2): 8 pp.
Nagao, M., Minami, A., Arakawa, K., Fujikawa, S., and
Takezawa, D. 2001. Abscisic acid and low temperature
increased gene expression along with enhancement of
freezing tolerance n Physcomitrella patens. In: Shin, J. S.
and Sasebe, M. (eds.). Moss 2001: An International

Chapter 7-9: Water Relations: Winter Physiology

Meeting on Moss Biology. National Institute for Basic
Biology, Okazaki, Japan, p. 70.
Nagao, M., Oku, K., Sakurai, M., Kim, Y.-M., Kimura, A.,
Minami, A., Arakawa, K., Fujikawa, S., and Takezawa, D.
2003. Increase in soluble sugars in protonema cells of
Physcomitrella patens by ABA treatment in association with
enhancement of freezing tolerance. J. Plant Res. 116
(Suppl.): 79-80.
Nagao, M., Minami, A., Arakawa, K., Fujikawa, S., Takezawa, D.
2005. Rapid degradation of starch in chloroplasts and
concomitant accumulation of soluble sugars associated with
ABA-induced freezing tolerance in the moss Physcomitrella
patens. J. Plant Physiol. 162: 169-180.
Nagoa, M., Oku, Kl., Minami, A., Mizuno, K., Sakurai, M.,
Arakawa, K., Funikawa, S., Takezawa, D.
2006.
Accumulation of theanderose in association with
development of freezing tolerance in the moss
Physcomitrella patens. Phytochemistry 67: 702-709.
NZOR.
2015.
Mnium.
Accessed 8 April 2015 at
<http://www.nzor.org.nz/names/9fd5a2ff-93a9-4a7e-9441e91db601c283>.
Oldenhof, H., Wolkers, W. F., Bowman, J. L., Talin, F., and
Crow, J. H. 2006. Freezing and desiccation tolerance in the
moss Physcomitrella patens: An in situ Fourier transform
infrared spectroscopic study. Biochim. Biophys. Acta 1760:
1226-1234.
Oloffson, J., Moen, J., and Oksanen, L. 2002. Effects of
herbivory on competition intensity in two arctic-alpine
tundra communities with different productivity. Oikos 96:
265-272.
Pannewitz, S., Schlensog, M., Green, T. G. A., Sancho, L. G., and
Schroeter, B. 2003. Are lichens active under snow in
continental Antarctica? Oecologia 135: 30-38.
Pouleur, S., Richard, C., Martin, J., and Antoun, H. 1992. Ice
nucleation activity in Fusarium acuminatum and Fusarium
avenaceumt. Appl. Environ. Microbiol. 58: 2960-2964.
Priddle, J. 1979. Morphology and adaptation of aquatic mosses
in an Antarctic lake. J. Bryol. 10: 517-529.
Prins, H. H. T. 1982. Why are mosses eaten in cold
environments only? Oikos 38: 374-380.
Proctor, M. C. 2000. The bryophyte paradox: Tolerance of
desiccation, evasion of drought. Plant Ecol. 151: 41-49.
Proctor, M. C. F. 2004. How long must a desiccation-tolerant
moss tolerate desiccation? Some results of two years' data
logging on Grimmia pulvinata. Physiol. Plant. 122: 21-27.
Raymond, J. A. and Fritsen, C. H. 2001. Semipurification and
ice recrystallization inhibition activity of ice-active
substances associated with Antarctic photosynthetic
organisms. Cryobiology 43: 63-70.
Rochefort, L., Campeau, S., and Bugnon, J.-L. 2002. Does
prolonged flooding prevent or enhance regeneration and
growth of Sphagnum? Aquat. Bot. 74: 327-341.
Rothero, G. 2007. Saying goodbye to our Arctic? The future of
snowbed vegetation in Scotland. Field Bryol. 91: 40-41.
Rowntree, J. K., Duckett, J. G., Mortimer, C. L., Ramsay, M. M.,
and Pressel, S. 2007. Formation of specialized propagules
resistant to desiccation and cryopreservation in the
threatened moss Ditrichum plumbicola (Ditrichales,
Bryopsida). Ann. Bot. 100: 483-496.
Rütten, D. and Santarius, K. A. 1992. Relationship between frost
tolerance and sugar concentration of various bryophytes in
summer and winter. Oecologia 91: 260-265.
Rütten, D. and Santarius, K. A. 1993. Cryoprotection of
Plagiomnium affine induced by various natural and artificial
substances. Can. J. Bot. 71: 793-798.

7-9-25

Saruwatari, M., Takio, S., and Ono, K. 1999. Low temperatureinduced accumulation of eicosapentaenoic acids in
Marchantia polymorpha cells. Phytochemistry 52: 367-372.
Schlensog, M., Pannewitz, S., Green, T. G. A., and Schroeter, B.
2004.
Metabolic recovery of continental Antarctic
cryptogams after winter. Polar Biol. 27: 399-408.
Schuster, R. and Greven, H. 2007. A long-term study of
population dynamics of tardigrades in the moss
Rhytidiadelphus squarrosus (Hedw.) Warnst. J. Limnol.
66(Suppl. 1): 141-151.
Segreto, R., Hassel, K., Bardal, R., and Stenoien, H. K. 2010.
Desiccation tolerance and natural cold acclimation allow
cryopreservation of bryophytes without pretreatment or use
of cryoprotectants. Bryologist 113: 760-769.
Seppelt, R. D. 1997. Vacuoles. Bryonet discussion on 14
November 1997.
Seppelt, R. D. and Laursen, G. A. 1999. Riccia cavernosa
Hoffm. emend Raddi, new to the Arctic and the bryoflora of
Alaska. Hikobia 13: 71-76.
Seppelt, R. and Ochyra, R. 2008. Moss amongst the ice – the
forests of Antarctica. Field Bryol. 94: 39-43.
Seppelt, R. D. and Selkirk, P. M. 1984. Effects of submersion on
morphology and the implications of induced environmental
modification on the taxonomic interpretation of selected
Antarctic moss species. J. Hattori Bot. Lab. 55: 273-279.
Seppelt, R. D., Green, T. G. A., Schwarz, A. M., and Frost, A.
1992. Extreme southern locations for moss sporophytes in
Antarctica. Antarct. Sci. 4: 37-39.
Shirasaki, H. 1984. Ecological distribution of Bryoxiphium
norvegicum subsp. japonicum. J. Phytogeogr. Tax. 32: 5967.
Shirasaki, H. 1987. Ecological distributions of Bazzania
trilobata S. Gray and B. yoshinagana Hatt. (Hepaticae). Soc.
Stud. Phytogeogr. Tax. 35(1): 27-35.
Shirasaki, H. 1996. Distribution and ecology of Ricciocarpos
natans in Niigata Prefecture and its adjacent regions, central
Japan. Proc. Bryol. Soc. Japan 6(11): 209-215.
Shirasaki, H. 1997. Distribution and ecology of Dichelyma
japonicum in the deep snow-covered district of Niigata
Prefecture and its adjacent regions, central Japan. Bryol.
Res. 7(2): 44-49.
Shirasaki, H. 1998. Distribution and ecology of Trachycystis
flagellaris and T. microphylla in Niigata Prefecture and its
adjacent regions, central Japan. Bryol. Res. 7(5): 139-145.
Slack, N. G., Duckett, J. G., and Capers, R. S. 2013. Monitoring
alpine bryophytes and snowbed communities in Northeastern
United States. Conference of the International Association
of Bryologists, 15-19 July 2013 at Natural History Museum,
London, UK.
Sonesson, M., Carlsson, B. Å., Callaghan, T. V., Halling, S.,
Björn, L. O., Bertgren, M., and Johanson, U. 2002. Growth
of two peat-forming mosses in subarctic mires: Species
interactions and effects of simulated climate change. Oikos
99: 151-160.
Stark, L. R. 2002. Skipped reproductive cycles and extensive
sporophyte abortion in the desert moss Tortula inermis
correspond to unusual rainfall patterns. Can. J. Bot. 80: 533542.
Stark, L. R. 2005. Phenology of patch hydration, patch
temperature and sexual reproductive output over a four-year
period in the desert moss Crossidium crassinerve. J. Bryol.
27: 231-240.
Stark, L. R. and Brinda, J. C. 2015. Developing sporophytes
transition from an inducible to a constitutive ecological
strategy of desiccation tolerance in the moss Aloina

7-9-26

Chapter 7-9: Water Relations: Winter Physiology

ambigua: Effects of desiccation on fitness. Ann. Bot. 115:
593-603.
Startsev, N. A., Lieffers, V. J., and McNabb, D. H. 2007. Effects
of feathermoss removal, thinning and fertilization on
lodgepole pine growth, soil microclimate and stand nitrogen
dynamics. Forest Ecol. Mgmt. 240: 79-86.
Takezawa, D. and Minami, A. 2004. Calmodulin-binding
proteins in bryophytes: Identification of abscisic acid-, cold, and osmotic stress-induced genes encoding novel
membrane-bound transporter-like proteins.
Biochem.
Biophys. Res. Commun. 317: 428-436.
Takezawa, D., Komatsu, K., and Sakata, Y. 2011. ABA in
bryophytes: How a universal growth regulator in life became
a plant hormone? J. Plant Res. 124: 437-453.
Tearle, P. V. 1987. Cryptogamic carbohydrate release and
microbial response during spring freeze-thaw cycles in
Antarctic fellfield sites. Soil Biol. Biochem. 19: 381-390.
Thomas, W. 1981. Entwicklung eines immissionsme b systems
fur PCA, chlorkohlenwasserstoffe und spurenmetalle mittels
epiphytischer Moose – angewandt auf den Raum Bayern.
Bayreuther Geowiss. Arb., 142 pp.
Tormo, R., Recio, D., Silva, I., and Munoz, A. F. 2001. A
quantitative investigation of airborne algae and lichen

soredia obtained from pollen traps in South West Spain. Eur.
J. Phycol. 36: 385-390.
Trynoski, S. E. and Glime, J. M. 1982. Direction and height of
bryophytes on four species of northern trees. Bryologist 85:
281-300.
Ueno, T., Imura, S., and Kanda, H. 2001. Colony form and shoot
morphology of Sanionia uncinata (Hedw.) Loeske growing
in different water conditions in the high Arctic, Spitsbergen,
Svalbard. Bryol. Res. 8: 1-6.
Woolgrove, C. E. and Woodin, S. J. 1994. Relationships
between the duration of snowlie and the distribution of
bryophyte communities within snowbeds in Scotland. J.
Bryol. 19: 253-260.
Woolgrove, C. E. and Woodin, S. J. 1996. Ecophysiology of a
snow-bed bryophyte Kiaeria starkei during snowmelt and
uptake of nitrate from meltwater. Can. J. Bot. 74: 10951103.
Xie, C.-F. and Lou, H.-X. 2009. Secondary metabolites in
bryophytes: An ecological aspect. Chem. Biodiv. 6: 303312.
Zachariassen, K. E. and Kristiansen, E. 2000. Ice nucleation and
antinucleation in nature. Cryobiology 41: 257-279.

